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INTRODUCTION
The database on small ribosomal subunit RNA (further
abbreviated as SSU rRNA) structure has more than doubled in
size in one year's time and currently contains 927 aligned
sequences. Table 1 only lists the 475 sequences (references
1 —475) that were added to the database since publication of the
last compilation (476). The latter should be consulted for data
and references concerning the sequences entered previously. The
total set of 927 entries now consists of 197 eukaryotic
cytoplasmic, 21 archaeal, 625 bacterial, 21 plastidial, and 63
mitochondrial SSU rRNAs. This set includes partial sequences,
but only if they satisfy the criterion defined in detail in the
previous compilation (476) and in footnote (f) of Table 1, in short
if the combined lengths of the sequenced segments corresponds
to at least 70% of the Escherichia coli 16S rRNA sequence.
Sequence alignment is based largely on the adopted secondary
structure model, which in turn is corroborated by the observation
of compensating substitutions in the alignment. Therefore, the
secondary structure model can be gradually refined as more
sequences become available. Some improvements to the
secondary structure model for eukaryotic SSU rRNAs are
described below.
SECONDARY STRUCTURE MODEL
Prokaryotic and eukaryotic models
Fig. 1 shows the prokaryotic secondary structure model,
applicable to SSU rRNAs from archaea, bacteria, plastids and
mitochondria. The model of Fig. 2 applies to eukaryotic
cytoplasmic SSU rRNAs. Areas of conserved primary and
secondary structure are drawn in bold lines. Areas of variable
primary and secondary structure, drawn in thin lines, are labelled
VI to V9. Variability in secondary structure often consists in
extension or reduction in size of helices in some species with
respect to others. Long insertions present in a limited number
of species result in the presence of extra helices, drawn in broken
lines.
The prokaryotic model is identical to the one shown in the
previous compilation (476), but the eukaryotic model has been
adapted, the changes being enumerated below. The two models
are distinguished, even though they have many helices in
common, because helix P21, which usually forms variable area
V4 of prokaryotic SSU rRNAs, apparently is not homologous
to any of the helices E21-1 to E21-10 forming area V4 in
eukaryotic SSU rRNAs.
Helix numbering system
Helices are given a different number if separated by a
multibranched loop, (e.g. helices 9 and 10), by a pseudoknot
loop (e.g. helices 1 and 2), or by a single stranded area that does
not form a loop (e.g. helices 2 and 30). A single number is
attributed to 48 'universal' helices, which are present in all
hitherto known SSU rRNAs from archaea, bacteria, and plastids.
They are also present in all known eukaryotic SSU rRNAs except
that of the microsporidian Vairimorpha necatrix, which lacks
helices 10, 11, and 44. Additional helices specific to the
prokaryotic model (Fig. 1) are given composite numbers of the
form Pa-b, where a is the number of the preceding universal helix
and b sequentially numbers all helices inserted between universal
helices a and a + 1 . Helices specific to the eukaryotic model
(Fig. 2) are similarly numbered Ea-b. Mitochondrial SSU
rRNAs, though they can be described by the prokaryotic model,
show extreme variability in length, ranging from about 600
nucleotides in flagellates to about 2000 nucleotides in plants. This
coincides with the absence of several universal helices in the
smaller molecules and with the presence of extra helices of the
P-series in the larger ones. A tentative helix occupancy table for
mitochondrial SSU rRNAs and examples of secondary structure
models can be found in the previous compilation (476). The
alignment of, and transposition of secondary structure models
to mitochondrial SSU rRNAs is less dependable than for other
SSU rRNAs, not only because of the variability in length, but
also because some of the sequences are very monotonous due
to a high A+U content.
Changes made to the eukaryotic secondary structure
model (Fig. 2)
Alignment of additional sequences has brought to light new
compensating substitutions, leading to changes in the base pairing
scheme adopted for helices 8 and 18. In addition, helices E21-1
to E21-4 of the previous model (476) have been rejected in favour
of a different structure, and the numbering of the helices in area
V4 was changed in consequence. Table 2 gives the helix
occupancy for area V4 of eukaryotic SSU rRNAs according to
the new structure and numbering system. Fig. 3 shows the
secondary structure presently adopted for Saccharomyces
cerevisiae SSU rRNA, which is typical for the majority of
eukaryotic structures. Fig. 4 shows the new secondary structure
for Drosophila melanogaster SSU rRNA, which is one of the
species containing extra helices E21-3 and E21-4. The structure
in the area of helix E21-10 (Fig. 2) remains uncertain. The insert
present in this area in a number of species (see Table 2) may
:
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Fig. 1. Secondary structure model for prokaryotic SSU rRNAs. The 5'-terminus
is symbolized by a dot, the 3'-terminus by an arrowhead. Helices are numbered
in the order of occurrence from 5'- to 3'-terminus. Helices bearing a single number
are common to the prokaryotic and eukaryotic (Fig. 2) models. Helices bearing
a composite number preceded by P are prokaryote-specific. Areas of relatively
conserved structure are drawn in bold lines. Nine variable areas labeled VI to
V9 are drawn in thin lines. Helices drawn in broken lines are present exceptionally.
Fig. 2. Secondary structure model for eukaryotic SSU rRNAs. Symbols are as
in Fig. 1. Helices bearing a composite number preceded by E are eukaryote-
specific. The area corresponding to V6 in Fig. 1 is more conserved among
eukaryotic SSU rRNAs. See Table 2 for a complete survey of helix occupancy
in known structures.
actually form more than one extra helix, but it is not possible
as yet to derive a reliable model on the basis of the available
sequences.
COMPLETENESS, ACCURACY, AND AVAILABILITY OF
THE DATA
SSU rRNA sequences deposited into the GenBank and EMBL
nucleotide sequence libraries are obtained weekly from the EMBL
file server by electronic mail. An appropriate set of programs
is used for alignment of a new sequence, indication of secondary
structure elements by comparison with a closely related sequence,
checking the consistency of the postulated secondary structure,
and checking for errors by comparison with the original record.
Files containing all the SSU rRNA sequences present in our
database are available in the following three formats.
1. The sequences, listed one by one, written continuously
without the gaps needed for alignment and without indication of
secondary structure elements.
2. The sequences, listed one by one, but with nucleotide
symbols interspersed with the gaps necessary for alignment. In
these files, each sequence covers 4284 positions, which is the
present length of the complete alignment of all eukaryotic,
archaeal, bacterial, and organellar sequences.
3. The sequences, listed in the form of an alignment with
indication of the secondary structure elements. The alignment
is divided into 43 pages each comprising 100 positions containing
a nucleotide or a gap. These positions alternate with extra
positions that are either blank or contain a symbol indicating the
beginning or end of a secondary structure element. The secondary
structure model adopted for each SSU rRNA sequence is
completely defined in these files.
In addition, there are files containing a taxonomic list of species
and general documentation on the database.
The database will be made available through 'anonymous
ftp' on host uiam3.uia.ac.be (143.169.8.1). A previous, less
complete version of the database was written on the CD-ROM
disk distributed in December 1991 by the EMBL nucleotide
sequence library at Heidelberg. Updates of the database will be
similarly put at the disposal of the EMBL nucleotide sequence
library for distribution on future releases of the CD-ROM, and
in order to be made available on the EMBL file server as well.
Due to the increasing volume of the database, copying it onto
diskettes is getting cumbersome. However, researchers who do
not have access to the aforementioned distribution channels can
inquire about the availability of the database on magnetic media
by writing to the authors or by sending an electronic mail
message to DEWACHTER@CCV.UIA.AC.BE or to
RRNA@CCV.UIA.AC.BE.
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Fig. 3. Secondary structure model for Saccharomyces cerevisiae SSU rRNA. With respect to the previously published model (476), a different base pairing scheme
has been adopted for helices 8, 18, and the area formed by helices E21-1 to E21-5.
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Fig. 4. Secondary structure model for Drosophila melanogaster SSU rRNA. With respect to the previously published model (476), a different base pairing scheme
has been adopted for helices 8 and 18, while helices E21-1 to E2I-5 replace a set of 4 different helices in the older model.
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Clone pHC8, operon rrnA
Clone HH10, operon rrnB
CCI Strain B91-007353
Strain B91-007352, ATCC 53690
Strain ATCC 25396
Strain MS1, ATCC 31632
Strain ATCC 35685
Strain NCTC 12138
Strain 2.4.1, operon rrnA
Strain 2.4.1, operon rrnB
Strain 2.4.1, operon rrnC
Strain ATCC 25869 (T)
Strain ATCC 146S6 (T)
Strain ATCC 19393 (T)
Strain 198A
Strain ATCC 16826 (T)
Strain CIP 542 (T)
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Campylobacter fotus subsp. fetus
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Adult female, liver, isolate no 27
Strain N2 Bristol.
Tissue body wall muscle and egg












































































































































































Footnotes to Table 1
a)This number corresponds with the literature reference.
b)Species are classified alphabetically within each taxonomic group as defined in columns 4 and 5. When different sequences are determined for various strains or genes of the same organism, the sequences
are listed separately and the species name is followed by a number.
c)This column contains the following data, if specified by the authors:
-Strain name for laboratory animals, (cultivated) variety for plants, culture collection and strain number in the case of microorganisms
-Tissue from which the DNA used for cloning or amplification was extracted in the case of differentiated organisms.
-Ribosomal RNA operon to which belongs the cloned SSU rRNA gene in the case of bacteria.
The absence of a specification is often due to the fact that a sequence is unpublished and that the specification is not mentioned in the submission to a nucleotide sequence library.
d)The taxonomic position is described according to the following references:
477 for the Metazoa (No. 1 to 31), 478 for the higher plants (No. 32 to 43), 57, 70, and 479 for the higher fungi (No. 44 to 76). The taxonomic position of the remaining eukaryotes is decribed according
to Corliss (480). The archaebacteria are classified according to Woese (481). The classification of the eubacteria is according to Stackebrandt et al. (482) for the Proteobacteria, according to Wayne et al.
(483) for the Firmicuta, and according to Woese (481) for the remaining taxa. We have no information yet on the taxonomic position of species 450 and 451. Taxon designations corresponding to an
established taxonomic level are followed by the abbreviation Ph. (Phylum), SPh. (Subphylum), Div. (Division) and Cl. (Class).
e)The SSU rRNA termini are located experimentally (e.g. by SI nuclease mapping) by some authors, but more often deduced by comparison with structures from related species. In case of length
heterogeneity the length of the longest variant is listed. A number enclosed in brackets means that the sequence is incomplete and gives the number of sequenced nucleotides. This includes partially identified
nucleotides denoted as B, D, H, K, M, R, S, V, W or Y, but not unidentified nucleotides denoted as N.
f)For incomplete sequences, this is the combined length of the corresponding E. coli SSU rRNA segments as a fraction of the total E. coli SSU rRNA length. This may amount to 100% even for an
incomplete sequence because a missing segment may be situated in an insertion relative to the E. coli sequence. In order for an SSU rRNA sequence to be listed, the sequenced segments should correspond
to segments in the E. coli sequence amounting to a combined length of at least 70% of the complete E. coli SSU rRNA (477).
g)Accession number in the EMBL and Genbank nucleotide sequence libraries. The accession number for a sequence is the same in both libraries but there can be a delay before a sequence submitted to one
library arrives in the other one.
h)RT: the SSU rRNA was sequenced by the dideoxynucleotide method using reverse transcriptase. PCR: amplification of the DNA involved use of polymerase chain reaction. In the remaining cases,
specific information about the methods used was not available (e.g. unpublished results) or DNA was amplified by cloning only. Sequencing of amplified DNA was then performed in most cases by the
dideoxynucleotide method.
i)The SSU rRNA sequence of Ustilago maydis contains a 411-base pair intron between bases 1158 and 1159.
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a) The presence of a helix
listed since universal
Vairimorpha necatrix SSU
is indicated by an asterisk. Only eukaryote-specific helices are
helices are present in all eukaryotic SSU rRNAs, except for
rRNA, which misses helices 10, 11 and 44.
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